Carbon stock and fluxes in Nyungwe forest and Ruhande Arboretum in Rwanda by Nsabimana, Donat
  
 
 
DOCTORAL THESIS 
 
 
 
 
Carbon stock and fluxes in Nyungwe forest 
and Ruhande Arboretum in Rwanda 
 
 
Donat Nsabimana 
 
 
 
 
 
DEPARTMENT OF PLANT AND ENVIRONMENTAL SCIENCES 
FACULTY OF SCIENCE 
UNIVERSITY OF GOTHENBURG 
 
2009 
 
 
 
 2  
 
 
 
 
 
 
 
 
 
 
This thesis will be defended in public at 10:00 on December 11th, 2009 in the Lecture Hall 
Föreläsningssalen, Department of  Plant and Environmental Sciences, Carl Skottsbergs Gata 22B. 
 
Examiner: Prof. Åke Larsson, University of Gothenburg, Sweden 
Faculty Opponent: Prof. Daniel Epron, Université Henri Poincaré  Nancy 1, France  
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
© Donat Nsabimana, 2009 
All rights reserved.  
E-mail addresses: donat.nsabimana@dpes.gu.se, dnsabimana@nur.ac.rw 
 
ISBN 978-91-85529-30-8 
http://hdl.handle.net/2077/21225 
 
 
Printed by Intellecta DocuSys AB, Sweden 
 
 3  
ABSTRACT 
 
 
Nsabimana D., 2009. Carbon stock and fluxes in Nyungwe forest and Ruhande Arboretum in 
Rwanda. Doctoral thesis. Department of Plant and Environmental Sciences, University of 
Gothenburg, Sweden. ISBN 978-91-85529-30-8. 
 
Conservation and sequestration of carbon in forest ecosystems are potential strategies to 
reduce or stabilize the atmospheric greenhouse gas concentrations and mitigate climate change.  
Estimating the degree to which forest ecosystems may achieve that function requires continuous 
measurements of forest carbon stocks and fluxes from all over the world. The aim of this thesis 
was to collect quantitative data on climate, carbon stocks, annual carbon increment, litter 
production, and soil CO2 effluxes in Ruhande Arboretum, a plantation of both non-native and 
native tree species, and Nyungwe forest, a national park of afromontane tropical forest 
vegetation, both situated in Rwanda. The annual mean air temperature at the Ruhande Arboretum 
(19 ºC) was higher than in the Nyungwe forest (14.4 ºC), but both sites showed small seasonal 
variation in air temperature and Nyungwe forest received a higher monthly precipitation than the 
Ruhande Arboretum.  The carbon stocks were dominated by above-ground biomass in both 
forests which was 70% in the Ruhande Arboretum and 57% in the Nyungwe forest. The annual 
litter production was 3.4 Mg C ha−1 yr−1, and followed a seasonal pattern. The mean annual soil 
CO2 efflux was 13.5 Mg C ha−1 yr−1 in the Ruhande Arboretum and 10.2 Mg C ha−1 yr−1 in the 
Nyungwe forest. No significant effect by the species on soil CO2 efflux was observed. The 
seasonal variation in soil CO2 efflux was strongly influenced by precipitation patterns and soil 
water content. Diurnal variation of soil CO2 efflux was bimodal and described a hysteresis 
relationship with soil temperature. Although, the daytime soil CO2 efflux correlated with soil 
temperature, the most of diurnal pattern was most likely affected by the supply of photosynthetic 
products to the roots. Spatial variation of soil CO2 efflux was mainly correlated to soil C and N 
stocks. The observed spatial, seasonal and annual soil CO2 effluxes were comparable to those 
observed in other tropical forests. This study should be replicated in other forests and in other 
land cover types in Rwanda, which can help to calculate a carbon balance for Rwanda. 
 
Keywords: Carbon stock; Litterfall production; Soil CO2 efflux or soil respiration; Soil 
temperature; Soil water content; Spatial variation; Seasonal and diurnal variations. 
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1. INTRODUCTION 
 
 
 
Forest ecosystems occupy large landscape areas of our planet and they play important 
socio-economic roles for human populations, and they also provide valuable ecological and 
environmental services. Thus, continuous monitoring of patterns of forest ecosystem functioning 
is needed for better understanding of global environmental change and to allow predictions of 
future human well-being. 
 
1.1 The world’s forest 
 
Forest ecosystems supply to human populations products such as fuelwood, charcoal, 
construction materials and other valuable products (UNEP, 2002; Montagnini and Jordan, 2005; 
Paper I). Forest cover helps to maintain a thermal balance in the atmosphere through 
evapotranspiration; forests regulate hydrological cycles, soil and water quality, and support the 
highest biodiversity (UNEP, 2002; Montagnini and Jordan, 2005; Denman et al., 2007; Bonan, 
2008). They play a major role in carbon storage and exchange with the atmosphere and 
regulation of climate (Dixon et al., 1994; Field et al., 1998; FAO, 2001; Denman et al., 2007; 
Bonan, 2008). 
 
The world’s forested area was recently estimated at 3 952 million hectares (Mha), 
accounting for 25.3% in Europe, 21% in South America, 17.9% in North America, 16% in 
Africa, 14.5% in Asia, and 5.2% in Oceania (FAO, 2006). In the tropics, forests were estimated 
to cover an area of 2675 Mha in 1850 (Malhi et al., 1999), 1910 Mha in 1980 and 1756 Mha in 
1990 (FAO, 2001). South America has the largest tropical forest area (886 Mha), followed by the 
Congo Basin and the Indonesian Archipelago (FAO, 2001; Chao et al., 2009). Two-thirds of the 
world’s forest is distributed in ten countries, with largest forest areas in the Russian Federation 
(809 Mha), Brazil (478 Mha), Canada (310 Mha), United States (303 Mha) and China (197 Mha) 
(FAO, 2006). 
 
1.2 Rwandan forests 
 
Information on Rwandan forests (Fig. 1b) is mainly limited to its geographical 
distribution, plant species composition, and historical land use changes (FAO, 1993, 2000). The 
Rwandan forests are composed of natural forests, woodlands, savannas and forest plantations, 
and were historically heavily deforested as a result of increased demand for agricultural land, 
grazing land, settlement and urbanization sites, and fuelwood (FAO, 2000; UNEP, 2002; 
MINITERE, 2003). The total area forested in Rwanda was 30% of total land area in the 1930s 
(Masozera and Alavalapati, 2004), 25.7% in 1960 and has been reduced to 8.9% in 2000 
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(MINITERE, 2005). In 2005, the MINITERE and CGIS-NUR forest mapping project estimated 
the Rwandan forest cover to be 240 746 ha, equivalent to 10.1% of national land area and 
subdivided into humid natural forests (3.4%), degraded natural forests (1.6%), bamboos and 
savannah (0.34%) and forest plantations (4.8%) (Fig. 1b; MINITERE and CGIS-NUR, 2007). 
The area of natural forest has decreased over time since 1960 while forest plantations has 
increased from 1960 to 2005,  mainly composed of introduced tree species including the genera 
of Eucalyptus, Grevillea, Cedrella, Pinus, Cupressus and Callitris, of which Eucalyptus 
occupied 65% of the total plantation area (FAO, 2000; Paper I). With reference to the literature 
(e.g., MINITERE, 2003; FAO, 2000),  it became evident that there was a lack of field data 
characterizing the status of biomass, carbon stock and fluxes, and soil nutrient content in 
Rwandan forests; thus it is a high need for further research.   
 
1.3 Global carbon cycle in forest ecosystems 
 
When nations convened and signed the United Nations Framework Convention on 
Climate Change (UNFCCC) and the Kyoto protocol, forest preservation, reforestation, and 
afforestation practices were proposed as options to conserve and enhance carbon sequestration, 
and potentially reduce or stabilize atmospheric greenhouse gas concentrations and mitigate 
climate change (Dixon et al., 1994; IPCC, 2000; Montagnini and Jordan, 2005; Houghton, 2007; 
Luyssaert et al., 2007; Bonan, 2008). Research activities on the role of forests in the carbon cycle 
have also emerged, aiming to increase the understanding of the main processes in the carbon 
cycle. 
 
The major carbon reservoirs are estimated to be oceans (38000 Pg C), terrestrial 
vegetation (500 Pg C), soils (1500−2000 Pg C), fossil fuels (5000−10 000 Pg C) and atmosphere 
(780 Pg C) (IPCC, 2000; Janzen, 2004; Houghton, 2007; Lambers et al., 2008). The exchanges 
of carbon between the atmosphere and terrestrial ecosystems (soil and vegetation) is critical to 
the patterns of carbon dioxide concentration in the atmosphere (Luo and Zhou, 2006; Houghton, 
2007; IPCC, 2007; Lambers et al., 2008). 
  
The amount of carbon dioxide (CO2) − the main anthropogenic greenhouse gas in the 
atmosphere− has significantly increased since the beginning of industrial revolution from about 
275−285 ppmv (parts per million by volume) to over 385 ppmv in 2008, and continues to rise by 
1.5 ppmv per year, and contributes 63% of the radiative forcing of climate change caused by the 
main greenhouse gases (IPCC, 2000; Houghton, 2007; IPCC, 2007; Lambers et al., 2008). 
Carbon is returned to the atmosphere via three of the largest fluxes, oceanic release (~90 Pg C 
yr−1), plant respiration (~59 Pg C yr−1), and soil respiration (~58 Pg C yr−1) (Schlesinger, 1997; 
IPCC, 2000; Luo and Zhou, 2006; Houghton, 2007; Lambers et al., 2008). These fluxes are 
mainly countered by plant photosynthesis which absorbs ~120 Pg C yr−1 from the atmosphere 
and ocean uptake (~92 Pg C yr−1). In addition, there are two small but fluxes where CO2 is 
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released from land use changes (~2 Pg C yr−1) and taken up by vegetation increases elsewhere 
(~0.7 Pg C yr−1). This means that carbon accumulated in vegetation (500 Pg C), detritus and soils 
(1500−2000 Pg C) (Malhi et al., 1999; Luo and Zhou, 2006) are decreasing of a rate of ~1.3 Pg 
C yr−1. It is accepted that the most recent increases in atmospheric CO2 concentration are mainly 
caused by human activities, namely the combustion of fossil fuels, cement production, land use 
changes and biomass burning; they emit to the atmosphere 8 Pg C yr−1 (Janzen, 2004; Luo and 
Zhou, 2006; IPCC, 2007; Lambers et al., 2008), which exceeds the net ocean and land sinks (3.1 
Pg C yr−1; IPCC, 2007). This has altered the natural carbon cycle and contributed significantly to 
climate change (Houghton, 1999; Malhi et al., 1999; Houghton, 2007; IPCC, 2007).  
 
The flux of carbon returned to the atmosphere through soil respiration, has received 
considerable research attention because it remains the least understood among the processes of 
the global carbon cycle (Luo and Zhou, 2006); it originates from the respiration of plant roots, 
soil microorganisms and soil macrofauna, as well as a small fraction of CO2 that comes from 
chemical oxidation and carbonate dissolution (Raich and Schlesinger, 1992; Valentini, 2003; 
Epron et al., 2004a; Sotta et al., 2004; Lee et al., 2006; Paper II). Soil respiration in forests 
utilizes more than 50% of carbon assimilated in gross ecosystem photosynthesis (Gaumont-Guay 
et al., 2006; Luo and Zhou, 2006) and contributes to 30−80% of total ecosystem respiration (Luo 
and Zhou, 2006). Soil CO2 efflux from tropical forests was estimated to be an average of 12 Mg 
C ha−1 yr−1 and between 3.2−6.8 Mg C ha−1 yr−1 in temperate and boreal forests (Raich and 
Schlesinger, 1992; Luo and Zhou, 2006).  
 
 Soil respiration will probably continue to receive more research priority because 
previous soil respiration studies were not equally distributed in different geographical regions 
and some regions remain unstudied. Consequently, estimates of global soil CO2 effluxes are still 
associated with large uncertainties which cause difficulties in predicting future soil CO2 efflux 
with precision (Houghton, 1999).  
 
On the other hand, forest ecosystems have received more research interest because of 
their significant role in the global carbon cycle and global atmospheric change (Houghton, 1999; 
Malhi et al., 1999; IPCC, 2001; IPCC, 2007). Forests are the largest carbon stock in terrestrial 
ecosystems (IPCC, 2000; Geider et al., 2001; Janzen, 2004; Roxburgh et al., 2006; Bonan, 2008) 
estimated to be about 1150 Gg (Dixon et al., 1994), of which 49% is in boreal forests, 37% in 
tropical forests and 14% in temperate forests (Malhi et al., 1999).  
 
Forest ecosystems make the largest contribution to global primary production (Malhi et 
al., 1999). For instance, net primary productivity (NPP) of tropical forests is estimated at 8 Mg of 
C ha−1 yr−1 (Schlesinger, 1997; Field et al., 1998), and between 3.1−31.5 Mg C ha−1 yr−1 (Clark 
et al., 2001) and contribute 32−36% of terrestrial NPP (Clark, 2004; Adachi et al., 2006; Bonan, 
2008). A large fraction of living biomass is returned to soils as dead organic matter, including 
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litterfall, root detritus and root exudates, which consequently increase the amount of carbon 
stored in the soil profiles (Schlesinger, 1977; Brown and Lugo, 1982; Clark et al., 2001). For 
instance, the Amazon forest is one of the most substantial biomass carbon pools and stores about 
9.6 Pg C in dead wood, which range between 2.5−86.6 Mg ha−1 (Chao et al., 2009). 
 
 In the past two decades, the importance of forests in the global carbon cycle and global 
atmospheric changes has led to increased research attention focused on whether forest 
ecosystems will continue to absorb carbon or will become a source of carbon dioxide to the 
atmosphere (Malhi et al, 1999; Mo et al., 2005), and therefore document or support the proposal 
that reforestation and afforestation activities will stabilize the atmospheric carbon dioxide 
concentration and mitigate climate change (IPCC, 2000; Montagnini and Jordan, 2005; Luyssaert 
et al., 2007). Most information on the role of forests in the carbon stock and flux processes 
between plants, soil and atmosphere generally comes from boreal and temperate regions, and 
tropical America, but less attention has been given to Africa (Cao et al., 2001; Paper II). 
Because of the small number of such studies in tropical Africa, this could produce large errors in 
estimates of the global carbon balance (Houghton, 2005).  
 
The tropical African climate is different from that of tropical America and Asia, which is 
characterized by lower precipitation, higher soil water stress and cooler air temperature because 
tropical Africa is to a larger extent situated at higher altitudes (McGregor and Nieuwolt, 1998; 
Malhi and Wright, 2004). These facts suggest the need to compare carbon storage and cycling 
patterns in tropical Africa to those in other regions. The African continent has also been warming 
at the rate of about 0.5 ºC per century during the 20th century, with larger warming in the 
June−August season, and it is predicted that Africa will be between 2−6 ºC warmer in 100 years 
(Hulme et al., 2005), indicating a need to predict the warming impact on carbon storage and 
fluxes in African forests.  
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2. AIMS 
 
 
Predicting the future carbon balance in Rwandan forest ecosystems requires an estimation 
of forest carbon pools and fluxes. It is needed to estimate soil CO2 release which is a key element 
of ecosystem respiration, and determine the factors that control its variation, including soil 
temperature and soil water content, which control global soil CO2 emission (Raich and 
Schlesinger, 1992; Raich et al., 2002; Gaumont-Guay et al., 2006; Luo and Zhou, 2006).  
 
Field data on carbon pools and fluxes are also needed for the estimation of sources and 
sinks of greenhouse gases at the national level to be reported to the UNFCCC, which Rwanda 
has ratified, to predict the carbon-sequestration potential of Rwandan land, and to support 
political decisions in relation to climate change mitigation strategies. At regional scale, studies of 
carbon stocks and fluxes in Rwandan forests will contribute to refined calculations of global 
carbon balance and help identify missing carbon sinks. 
 
The aim of this thesis was to collect quantitative data on climate, carbon stocks, annual 
carbon increment, litter production, and soil CO2 effluxes in a forest plantation and a native 
forest in Rwanda. More specific aims of the five papers were to:  
I. Estimate carbon stocks in soil, litter, aboveground biomass and belowground biomass in 
the Ruhande monospecific forest plantations and Nyungwe mountain tropical forest 
(Papers I, II, IV and V).  
II. Estimate the aboveground biomass increment and determine the seasonal pattern of litter 
production in monospecific plantations (Paper V).  
III. Document quantitative data on diurnal, seasonal and spatial variations in soil CO2 efflux 
in the Ruhande monospecific forest plantations and the Nyungwe forest (Papers II, III, 
and IV); 
IV. Determine the dominant factors creating the variations in soil CO2 efflux, particularly the 
responses of soil, stand, and climate characteristics (Papers II, III, and IV).  
 
Forest land uses were selected for the studies because they store the largest amount of carbon in 
soils and biomass and are potentially the largest CO2 sources. The Nyungwe forest and the 
Ruhande Arboretum were also selected for the studies because their long-term land use history 
was known and they represent both native forest and forest plantation types, respectively.  
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3. MATERIALS AND METHODS 
 
 
3.1 Sites description 
 
The studies were carried out in two forest types that were situated at two geographical 
locations (Fig. 1): (i) the Ruhande Arboretum covers 200 ha divided into 504 plots of monospecific 
stands and 4 ha of mixed native species (MNS), situated in southern Rwanda (2º36′S, 29º44′E, 
1638−1737 m altitude); and (ii) the Nyungwe montane tropical forest, covers an area of 970 km2 of 
mountain forest situated in southwestern Rwanda (2°17′−2°50′S, 29°07′−29°26′E, 1600−2950 m 
altitude). Nyungwe forest is also a national park. The number of sites varied through the study: 
three replicates of seventeen monospecific stands and a MNS plot (Paper I), two replicates of six 
monospecific stands (Paper II), two replicates of two monospecific stands (Paper III), four plots 
in the Nyungwe forest (Paper IV), and three replicates of eight monospecific forest plantations, 
three replicates in the MNS plot, and four plots in the Nyungwe forest (Paper V). The sites were 
characterized in Papers I to V in relation to tree species composition, tree density, stand age, 
diameter at breast height (DBH), height, basal area, and leaf area index (LAI).  
 
Ruhande Arboretum
Rwanda
a
b
Nyungwe forest
 
Figure 1. Location of Rwanda in Africa (a). Map of Rwandan forests showing the two research sites: the 
Nyungwe forest and Ruhande Arboretum and location of weather stations in red stars (b) (Papers I−V). 
 
 
 
50 km 
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3.2 Meteorological measurements 
The climate of the sites was monitored using two automated weather stations (Fig. 1b), 
which are described in details in Papers III and IV. One climate station was established in 
February 2006 in Butare city (2º35′ S, 29º44′E, 1765 m altitude) at about 2 km from the Ruhande 
Arboretum; Another climate station was established in February 2007 at Uwinka research site 
(2°28′43"S, 29°12′E, 2465 m altitude) in Nyungwe forest.  
 
3.3 Soil sampling and analyses 
 
Soil samples were taken from 0 to 10 cm, 10 to 20 cm, and 20 to 30 cm depths (Papers 
II, IV, and V) within each plot using stainless steal metallic cylinders of 7 cm diameter and 10 
cm depth, and oven-dried at 105 ºC until constant weight for bulk density determination, and  
prepared for C and N concentrations analyses as outlined in Papers II, IV, and V. Soil samples 
were also analyzed for pH and nutrient contents as described in Paper I. Soil C concentrations 
were converted to soil C stocks (Mg ha−1) following the method by IPCC (equation 3.2.16 in 
IPCC, 2003):  
 
SCD = [SOC] * Bulk Density * (1 − frag) * Depth * 10  
 
where SCD is a soil carbon density (t C ha−1); [SOC] is the concentration of soil organic carbon 
in g C (kg soil)−1; Bulk Density is a measure of soil bulk density (t m−3); frag is % volume of 
coarse fraction (dimensionless); and Depth is the thickness of the soil layer sampled (m). 
 
3.4 Estimation of current carbon storage 
The carbon stocks were measured in soil, litter, and living biomass components (Papers 
II, IV, and V). The carbon stock in soil was determined as outlined in section 3.3. The procedure 
for the calculation of carbon stocks in litter and living biomass (Paper V) involved the 
determination of the dry mass of each component per hectare and the determination of its carbon 
concentration by dry combustion using an elemental analyzer, model EA 1108 CHNS. The 
carbon stock (Mg ha−1) of each component was obtained by multiplying the carbon concentration 
by its dry mass per hectare. The detailed methodology is described in Paper V.   
 
3.5 Estimation of vegetation biomass and mean annual increment 
 
Current tree measurements of DBH and height (Paper V) were made in August 2008 and 
were complemented by historical measurements made by the managers of the Ruhande 
Arboretum. The DBH and height of trees in Nyungwe forest were measured in July 2008. For all 
trees within the plots having a stem DBH greater than 10 cm, DBH and height were measured, 
and these were used to calculate the aboveground volume using the allometric equation (FAO, 
2004, p. 19). The wood density was determined using the method by Standards Australia (2000) 
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in which samples were collected from the field and oven-dried at 70 ºC for 48 hrs. The total 
biomass (Mg ha−1) was calculated by multiplying the volume over bark, wood density and 
biomass expansion factor (FAO, 1997, 2001). The annual biomass increment was determined by 
dividing total biomass with the age of the plantation. The obtained value was multiplied by the 
carbon concentration of dry wood sample to obtain the carbon increment per hectare and per year 
(Paper V).  
 
3.6 Estimation of litterfall production 
 
Litterfall was collected biweekly from May 2008 to October 2009 (Paper V) in three 
replicates of eight monospecific plantations in the Ruhande Arboretum. The litter was oven-dried 
at 70 ºC for 48 hrs and weighed for each date and averaged for each month.  Litter samples 
collected in February and March 2009 were used to determine the carbon concentration in 
litterfall. Oven-dry litter samples were ground to a fine powder using a ball mill (model MM 
301, Retsch, Germany) and their carbon concentrations were determined by dry combustion 
using an elemental analyzer, model EA 1108 CHNS. The dry mass of litterfall per hectare and 
per month was multiplied by litter carbon concentration. The monthly values obtained from June 
2008 to May 2009 were summed to obtain the annual carbon accumulation by the litterfall. The 
detailed methodology for the litterfall measurement is given in Paper V. 
 
3.7 Spatial and seasonal soil CO2 efflux measurements 
 
Spatial and seasonal variations of soil CO2 efflux (µmol m−2 s−1) were measured in two 
replicates of six monospecific forest plantations at the Ruhande Arboretum (Paper II) and in 
four plots in the Nyungwe forest (Paper IV) using the LI 6400−09 soil respiration chamber 
connected to the LI−6400 Portable Photosynthesis System (LI−COR Inc., Lincoln, NE, USA) 
(Fig. 2a). Simultaneously, soil temperature at 10 cm depth was monitored using a soil probe 
thermocouple (LI 6000−09 TC, LI−COR Inc., Lincoln, NE, USA) connected to a data logger and 
inserted in the soil adjacent to the soil respiration chamber. Soil water content was measured at 
the 3 points closest to the measurement positions using a Theta probe (Ml2, Delta-T Devices 
Ltd., Cambridge, U.K.) inserted at 6 cm soil depth.  The detailed procedure for these 
measurements is given in Papers II and IV.  
 
3.8 Diurnal soil CO2 efflux measurements 
 
The diurnal soil CO2 effluxes were measured in two plots of Eucalyptus maculata and 
two plots of Entandrophragma excelsum at the Ruhande Arboretum (Paper III) and in Yellow 
trail plot in Nyungwe forest (Paper IV). Diurnal patterns of soil CO2 efflux (µmol m−2 s−1) were 
measured once a month for 48 consecutive hours at 10 minutes intervals, using the LI−8100 
automated soil CO2 flux system connected to the LI−8100-101 soil chamber (LI−COR Inc., 
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Linkoln, NE, USA) (Fig. 2b). Simultaneously, soil temperature (°C) and soil water content were 
recorded using accessory sensors (LI−8100-201 soil temperature probe and an EC-5 dielectric 
sensor for soil water content, respectively) that were attached to the LI−8100 automated soil CO2 
flux system and inserted in the soil to a depth of 10 cm, close to the LI−8100-101 soil chamber 
(Papers III and IV). Alternatively, soil temperature and soil water content were monitored every 
10 minutes using soil temperature sensors and soil moisture sensors, Theta Probes (Delta-T 
Devices Ltd., Cambridge, U.K.) that were attached to a GP1 data logger (Delta-T Devices Ltd., 
Cambridge, U.K.). The detailed protocol is described in Papers III and IV.  
 
3.9 Data analyses 
 
Measurements of soil CO2 efflux, soil temperature, and soil water content from sampling 
locations at each site were averaged to give a monthly mean for each site. The monthly mean soil 
CO2 effluxes were averaged to give an annual efflux (µmol m−2 s−1) (Papers II, IV). The rate of 
soil CO2 efflux in Papers II and IV (µmol m−2 s−1) was converted to Mg C ha−1 yr−1 (1 Mg = 106 
g), expressing the annual carbon emission per hectare, as following: 
 
1 µmol CO2 m−2 s−1 = 0.086 mol CO2 m−2 d−1 ≈ 1.04 g C m−2 d−1 = 3.78 Mg C ha−1 yr−1  
 
The diurnal patterns of soil CO2 efflux was analysed by identifying the time of the 
minimum (tMin) and maximum (tMax) and the amplitude of the variation (Paper III). Soil CO2 
efflux was averaged for three periods of day: 06:00−10:00 hrs, 10:00−14:00 hrs and 14:00−18:00 
hrs and identified the minimum and maximum soil CO2 efflux (SCEMin and SCEMax) at each tMin 
and tMax point and calculating the diurnal amplitude of soil CO2 efflux (Paper III). 
 
 One-way analysis of variance (ANOVA) with the Tukey’s post hoc test at α = 0.05 was 
used to compare treatments in relation to carbon stock in soil, litter, and biomass and soil nutrient 
contents (Papers I, II, IV and V). Repeated measures analysis of variance (RMANOVA) at α = 
0.05 was used to test for differences in temporal variation of soil CO2 efflux, soil water content 
and soil temperature (Papers II, III and IV). Pearson correlation analysis was used to examine 
the relationship between soil CO2 effluxes and soil and stand variables (Papers II and IV). 
Standard deviation (SD) and coefficient of variation (CV) were used to express the temporal and 
spatial variability of soil CO2 effluxes. Statistical analyses were performed using SPSS software, 
version 15.  
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LI6400 Portable photosynthesis 
system
Soil temperature probe
Delta-T soil moisture meter
Li6400-09 soil respiration chamber
 
  
Soil respiration chamber
Analyzer Control Unit
12V Battery
Laptop for starting and 
controlling measurements
Soil temperature probe
EC-5 dielectric sensor 
(for measuring SWC)
 
Figure 2. Measurement of soil CO2 efflux in the field using the LI−6400 soil respiration system (a) and Diurnal 
soil CO2 efflux measurement using the LI−8100 automated soil CO2 flux system (b) (Papers II, III, and IV). 
 
 
 
 
b 
a 
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4. RESULTS AND DISCUSSION 
 
 
4.1 Climate 
 
The Nyungwe forest and Ruhande Arboretum are characterized by a climate with a 
bimodal rainfall pattern: two rainy seasons alternating with two dry seasons (Papers II, III, and 
IV). The main rainy season extends from March to May and the mild rain extends from September 
to December. In 2007 and 2008, the Nyungwe forest received a higher monthly precipitation than 
the Ruhande Arboretum (Figs. 3c, d), while annual mean air temperature at Ruhande was higher 
(19 ± 0.5 ºC; Fig. 3a) than that in the Nyungwe forest (14.4 ± 0.5 ºC; Fig. 3b), but both sites 
showed small seasonal variations in air temperature (Fig. 3a, b; Papers II, III and IV).  
 
 
Figure 3. Monthly mean air temperature in the Ruhande Arboretum (a) and Nyungwe forest (b) and monthly 
precipitation in Ruhande Arboretum (c) and Nyungwe forest (d) in 2007 and 2008 (Papers II, III, and IV). Error 
bars in (a) and (b) indicate standard deviation from the monthly mean air temperature. Annual mean air 
temperature in Ruhande Arboretum was 19 ± 0.5 ºC ranging between 17.9 ± 0.9 ºC in March 2008 and 19.9 ± 
1.3 ºC in September 2008. Annual mean air temperature in the Nyungwe forest was 14.4 ± 0.5 ºC ranging 
between 13.2 ± 0.76 ºC in June 2008 and 15.3 ± 0.97 ºC in September 2008. The main dry season occurs in July 
and August.  
0
5
10
15
20
25
J F M A M J J A S O N D
Ai
r 
te
m
pe
ra
tu
re
 
(oC
)
a
0
5
10
15
20
25
J F M A M J J A S O N D
2007
2008
b
0
100
200
300
400
500
J F M A M J J A S O N D
Pr
e
ci
pi
ta
tio
n
 
(m
m
)
2007
2008
c
0
100
200
300
400
500
J F M A M J J A S O N D
Pr
e
ci
pi
ta
tio
n
 
(m
m
)
2007
2008
d
 17  
4.2 Carbon storage in different pools 
 
The carbon stock (Paper V) in the Ruhande monospecific plantations (711 ± 387 Mg C 
ha−1) was higher than that in the Nyungwe forest (659 ± 177 Mg C ha−1), but not significantly 
different (Fig. 4; P = 0.66), and were higher than the values observed in other tropical forests 
(Paper V), but soil carbon and litter carbon stocks were higher in Nyungwe forest than in the 
Ruhande Arboretum (Fig. 4; P < 0.001). The largest fraction of total carbon stock was in 
aboveground biomass, accounting for 70% in the Ruhande Arboretum and 57.3% in the 
Nyungwe forest (Paper V).  
 
The spatial distributions of carbon pools in the Ruhande Arboretum were more variable 
than those in Nyungwe forest (Table 1; Data from Paper V), which may have resulted from 
differences in species productivity, the removal of biomass when trees were harvested or 
thinned, and the collection of firewood by the neighboring population at the Ruhande 
Arboretum. The relative stability of carbon pools in the Nyungwe forest may be explained by its 
long-term accumulation of litterfall and coarse wood debris and its status as a protected area by 
the Rwandan Government. Moreover, litter decomposition and microbial activity are faster at 
higher temperatures (Raich et al., 2006), suggesting a slower decomposition rate in the Nyungwe 
forest than in the Ruhande Arboretum because the climate in the Nyungwe forest was 4.6 ºC 
cooler than that in the Ruhande Arboretum (Fig. 3). Thus the balance between mortality inputs 
and decomposition outputs become relatively higher in the Nyungwe forest. 
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Figure 4. Estimates of carbon stock (Mg C ha−1) in soil, litter, aboveground biomass (AGB), belowground 
biomass (BGB), and total carbon stock (Total C) in the Ruhande Arboretum (white bars) and the Nyungwe 
forest (grey bars). Vertical bars indicate standard deviation from the mean. Statistical analysis (t-test): *** 
P < 0.001; ns: not significant (Paper V).  
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Table 1. Comparison of spatial distribution of carbon pools in the Ruhande Arboretum and the Nyungwe forest, 
expressed using coefficient of variation (%). Abbreviations: aboveground biomass (AGB), belowground biomass 
(BGB), soil carbon (Soil C), litter carbon (Litter C), and total carbon (Total C) (Data from Paper V).  
 
Site name Soil C Litter C AGB BGB Total C 
Ruhande 15.1 47.7 63.1 54.4 54.5 
Nyungwe 7.9 23.8 38.1 38 26.9 
 
4.3 Aboveground biomass increment and litterfall production 
 
The annual aboveground carbon increment (Paper V) was between 3.3 and 14.7 Mg C 
ha−1 yr−1 and was largest in Eucalyptus microcorys and Eucalyptus citriodora stands and lowest 
in Afrocarpus falcatus stands at the Ruhande Arboretum. Annual litter production (Paper V) was 
3.4 Mg C ha−1 yr−1, ranging between 2.3 and 4.2 Mg C ha−1 yr−1 and was largest in Polyscias 
fulva and Entandrophragma excelsum stands, both are native forest species (Table 4 in Paper 
V). Litter production followed a seasonal pattern with lowest values during wet seasons and 
highest values in dry seasons (Fig. 2 in Paper V). The litter production rate was comparable to 
the values observed in other tropical forests, while the biomass increment in our study site was 
larger than the values from other tropical forests (Paper V). 
 
4.4 Mean annual and spatial variations of soil CO2 efflux 
 
The mean annual soil CO2 efflux in the Ruhande monospecific plantations (13.5 Mg C 
ha−1 yr−1; Paper II) was higher than that in the Nyungwe forest (10.2 Mg C ha−1 yr−1; Paper IV). 
In the Ruhande Arboretum, mean annual soil CO2 efflux was highest in E. saligna stand (14.7 
Mg C ha−1 yr−1) followed by the E. maidenii stand (14.3 Mg C ha−1 yr−1) and the E. maculata 
stand (13.4 Mg C ha−1 yr−1) and lowest in Entandrophragma excelsum stand (11.7 Mg C ha−1 
yr−1), but with no significant difference between species (Fig. 5a; Paper II). In Nyungwe forest, 
mean annual soil CO2 efflux was highest in YTP and BTP (11.7 and 11.1 Mg C ha−1 yr−1, 
respectively; Fig. 5b). Soil CO2 efflux rates in our studies were in the range of previous results in 
other tropical regions (Table 2; 7−26 Mg C ha−1 yr−1: Raich and Schlesinger, 1992; Buchmann et 
al., 1997; Davidson et al., 2000; Schwendenmann et al., 2003; Epron et al., 2004b; Salimon et 
al., 2004; Sotta et al., 2004; Epron et al., 2006a, b).  
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Figure 5. Mean annual soil CO2 efflux from the (a) Ruhande monospecific stands and (b) the Nyungwe 
forest (Data from Papers II and IV). Vertical bars indicate standard deviation from the mean. Mean annual 
soil CO2 efflux was highly variable with average coefficient of variation of 25.5% in the Ruhande 
monospecific stands and 28.8% in the Nyungwe forest sites. Abbreviation of site names: blue trail plot 
(BTP), green trail plot 1 (GTP1), green trail plot 2 (GTP2) and yellow trail plot (YTP).  
 
 
Figure 6. Coefficients of variation between plots versus average CV within-plots in the Ruhande 
Arboretum (a) and the Nyungwe forest (b). Within-plots variation was higher than the between plots 
variation at both sites (Data from Papers II and IV). 
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Table 2. Summary of soil CO2 efflux studies in the tropical regions. Abbreviations: soil CO2 efflux (SCE), soil temperature (Ts), soil water content (SWC), leaf 
area index (LAI), precipitation (P), soil organic carbon (SOC), soil carbon stock (Soil C), soil bulk density (BD), basal area (BA), root biomass (RM), 
aboveground litter (AGL). 
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Davidson et al. 2000 Primary forest, Amazon 22−24 1800 20 P, SWC
Davidson et al. 2000 Secondary forest, Amazon 1800 18 P, SWC
Davidson et al. 2000 Active pasture, Amazon 23−31 1800 15 P, SWC
Davidson et al. 2000 Degraded pasture, Amazon 1800 10 P, SWC
Sotta et al 2004 Amazon 25−26 0.2−0.41 2200 24.4 16.4−36.9 SWC Ts 300-350 5−6
Salimon et al. 2004 Secondary forest, Amazon 23−33 1940 16 P, SWC 15
Salimon et al. 2004 Mature forest 20−26 1940 17 P, SWC 14
Salimon et al. 2004 Pasture 22−35 1940 24 P, SWC 25
Epron et al. 2006 Primary forest, French Guiana 25.6 0.1−0.4 2980 16.2 8.4−24.5
RM, SOC, 
BD, Ts, pH 7.0
Schwendenmann et al. 2003 Primary forest, Costa Rica 21−27 0.25−0.65 4200 10.7 10−16.6 SWC 150
Chambers et al. 2004 Amazon, Brazil 0.15−0.65 2380 12.1 7.9−15.5 Ts, SWC 100
Epron et al. 2004b Eucalyptus  plantation, Congo 25−30 0.03−0.11 1200 6−21.3 SWC, Ts AGL 700 1.6 100
Epron et al. 2006b Eucalyptus  plantation, Congo 25−32 0.03−0.15 1170 15.7 7.6−30.4 P, SWC 530 105 100
Nouvellon et al. 2008 Savannah afforestation, Congo 23−32 0.05−0.12 1216 6.6 3−11 SWC 5 100
Hashimoto et al. 2004 Primary forest, Thailand 10−24 0.2−0.5 1657 25.6 SWC 1300
Adashi et al. 2006 Primary forest, Malaysia 24.3 0.18 2341 19.8 SWC RM 403
Adashi et al. 2006 Secondary forest, Malaysia 25.5 0.15 2341 20 SWC Soil C, N
Kosugi et al. 2007 Primary forest, Malaysia 24−26 0.2−0.44 14.8 9.5−24.7 SWC SWC
Janssens et al. 1998 Primary forest, French Guiana 24.9 0.16 2200 8.7 RM 8.6
Janssens et al. 1998 Plantation, French Guiana 25 0.16 2200 11 RM
Janssens et al. 1998 Clear-cut, FrenchGuiana 26.3 0.9 2200 9.5 Ts
Bréchet et al. 2009 Forest plantation, French Guiana 3041 15.2 12.9−17 AGL, BA 3.9
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The spatial variation of soil CO2 efflux at both sites (Papers II and IV) was high, with 
within-plots variation being higher than the variation between plots (Fig. 6). The averages within 
plots CV were 38.6% in the Ruhande Arboretum (Paper II) and 34.5% in the Nyungwe forest 
(Paper IV), while the averages between plots CV were 13.5% in the Ruhande Arboretum 
(Paper II) and 19.5% in the Nyungwe forest (Paper IV) (Fig. 6). These values indicate high 
error rates in the estimation of annual soil CO2 emissions. High spatial variation in soil CO2 
efflux was also reported in other tropical studies (the range of CV was between 15−73%: 
Schwendenmann et al., 2003; Epron et al. 2004b; Epron et al., 2006a; Kosugi et al., 2007). 
Spatial variability of soil CO2 effluxes in the Ruhande and the Nyungwe forest sites is explained 
by soil C and N stocks, basal area, aboveground biomass, soil pH and stand age (Papers II and 
IV). Effects of these factors on spatial variation of soil CO2 efflux were also observed in other 
tropical forests (e.g., Epron et al., 2006a; Bréchet et al., 2009; Table 2). Correlation of soil C and 
N stocks with soil CO2 efflux was also observed in tropical Asia and America (Salimon et al., 
2004; Adachi et al., 2006; Epron et al., 2006a; Kosugi et al., 2007) and suggests the influence of 
substrate availability on soil respiration rate. Nitrogen content also determines the rate of litter 
decomposition (Luo and Zhou, 2006) and root biomass (Kosugi et al., 2007), and consequently 
the rate of soil respiration. Differences between soil CO2 efflux in the Ruhande Arboretum 
(Paper II) and the Nyungwe forest (Paper IV) can be attributed to differences in climate, 
especially temperature which influences the rate of litter decomposition, microbial and plant 
metabolic activities, and consequently, soil CO2 production and release (Xu and Qi, 2001; Luo 
and Zhou, 2006; Raich et al., 2006). 
 
4.5 Seasonal variations of soil CO2 efflux 
 
The seasonal patterns of soil CO2 efflux in the Nyungwe forest (Paper IV) and the 
Ruhande monospecific forest plantations (Paper II) were similar but the monthly mean soil CO2 
effluxes in the Ruhande Arboretum were 11 to 37% higher than those in the Nyungwe forest 
(Fig. 7). Seasonal variations of soil CO2 efflux followed the pattern of precipitation and were 
highest in rainy seasons and lowest in dry seasons, mainly in July and August (Fig. 7; Papers II 
and IV).   Soil CO2 efflux increased with increasing soil water content but appeared to saturate or 
decrease above a soil water content of 0.25 m3 m−3 in the Ruhande sites (Paper II) and 0.28 m3 
m−3 in the Nyungwe sites (Paper IV).  
 
 22  
0
1
2
3
4
5
6
JAN FEB MAR APR MAY JUN JUL AUG SEP OCT NOV DEC
So
il 
CO
2 
ef
flu
x
 
(g 
C
 
m
 
−
2  
d 
−
1 )
 
Figure 7. Seasonal variation in soil CO2 efflux from January to December in the Ruhande Arboretum and the 
Nyungwe forest (Data from Papers II and IV). Symbols: white bars = Ruhande Arboretum, grey bars = Nyungwe 
forest. Error bars indicate standard deviation from the mean. Monthly mean is the monthly averages of all stands at 
the same site for 2 years (Ruhande Arboretum: 2006 and 2007; Nyungwe forest: 2007 and 2008). 
 
Soil water content was the main driving factor in seasonal variation of soil CO2 efflux in 
the Ruhande Arboretum (Paper II: R2 = 0.36−0.77) and Nyungwe forest (Paper IV: R2 = 
0.41−0.75), which was also observed in tropical forests in America, Asia and Africa (Table 2; 
Epron et al., 2004a, b; Hashimoto et al., 2004; Salimon et al., 2004; Sotta et al., 2004; Kosugi et 
al., 2007; Werner et al., 2007; Nouvellon et al., 2008). The seasonality of soil CO2 efflux 
associated with precipitation patterns and soil water content was also observed in tropical forests 
in Kenya, Thailand, Congo, Malaysia and Amazon (Table 2; Davidson et al., 2000; Epron et al., 
2004b; Hashimoto et al., 2004; Salimon et al., 2004; Epron et al., 2006b; Kosugi et al., 2007; 
Werner et al., 2007; Nouvellon et al., 2008). High soil CO2 efflux during the rainy seasons was 
attributed to increase in microbial and root activities in response to soil water content increase 
(Lee et al., 2002; Luo and Zhou, 2006). Conversely, low rates of soil CO2 efflux in dry seasons 
when soil water content is low, is attributed to low substrate diffusion and water stress imposed 
on roots and microorganisms, which consequently reduce their metabolism and CO2 production 
(Xu and Qi, 2001; Janssens and Pilegaard,  2003; Davidson et al., 2006)  
 
The decrease in soil CO2 efflux above a soil water content of 0.25 m3 m−3 (Paper II) or 
0.28 m3 m−3 (Paper IV) was suggested to be attributed to a decline in oxygen and CO2 diffusion 
in a water-saturated soil (Davidson et al., 1998, 2000; Xu and Qi, 2001; Rey et al., 2002; 
Valentini, 2003), and a decline in soil temperature caused by soil water content increase 
(Schwendenmann et al., 2003; Adachi et al., 2006; Epron et al., 2006a).  
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Variation in soil temperature exerted a minor effect on the seasonal variation of soil CO2 
efflux at the Ruhande sites (R2 = 0.06 – 0.17; Paper II) while it exerted a relatively significant 
effect in the Nyungwe forest (R2 = 0.15 – 0.62; Paper IV). Other studies have also observed that 
influence of soil temperature on seasonal variation in soil CO2 efflux was smaller than that of 
soil water content in forest plantations in Congo (Epron et al., 2004b) and in tropical forests of 
Amazonia, Thailand and Malaysia (Davidson et al., 2000; Hashimoto et al., 2004; Salimon et al., 
2004; Adachi et al., 2006). This is attributable to small soil temperature variability over the 
seasons. In contrast to tropical regions, influence of soil temperature on soil CO2 efflux is very 
high in temperate and boreal forests due to wide range of seasonal and diurnal variations in 
temperature in those regions, which make it easier to observe changes in soil CO2 efflux 
(Davidson et al., 1998; Xu and Qi, 2001; Rey et al., 2002; Curiel Yuste et al., 2003; Valentini, 
2003; Mo et al., 2005; Tang et al., 2005; Gaumont-Guay et al., 2006; Wang et al., 2006). 
 
Influences of soil water content and soil temperature in soil CO2 efflux are indicative of 
their role in the production of soil CO2 by influencing the physiological activities of plant growth 
and substrate supply, root respiration and microbial decomposition through the facilitation of 
enzymes and substrate diffusion.  They also influence the transport of CO2 in soil (Ouyang and 
Zheng, 2000; Schwendenmann et al., 2003; Valentini, 2003; Jassal et al., 2004; Luo and Zhou, 
2006; Schwendenmann and Veldkamp, 2006; Papers II, III and IV). 
 
4.6 Diurnal patterns of soil CO2 efflux  
 
Diurnal patterns of soil CO2 efflux and soil temperature in stands of Eucalyptus maculata 
and Entandrophragma excelsum were associated in a bimodal pattern: a daytime phase that 
followed the variation in soil temperature, and a nighttime phase that was decoupled from the 
variation in soil temperature and most likely influenced by the supply of photosynthetic products 
(Fig. 2 and Table 2 in Papers III). The bimodal pattern of diurnal soil CO2 efflux was also 
observed in Nyungwe forest (Fig. 4a in Paper IV). Diurnal variations of soil CO2 efflux versus 
soil temperature described a counter-clockwise hysteresis loop (Fig. 4 in Paper III; Fig. 4b in 
Paper IV). Similar figures were also observed in an oak-grass savanna and boreal forests (Tang 
et al., 2005; Gaumont-Guay et al., 2006; Carbon and Vargas, 2008; Vargas and Allen, 2008b) 
and in a tropical forest (Janssens et al., 1998; Vargas and Allen, 2008a). Diurnal patterns of soil 
CO2 efflux delayed to those of soil temperature. Previous finding indicated that the delay of soil 
CO2 efflux to soil temperature results from the delay of soil CO2 production, which is regulated 
by the supply of photosynthetic products to roots that occurs some hours later from the time of 
photosynthesis (Tang et al., 2005; Gaumont-Guay et al., 2006; Carbon and Vargas, 2008; Vargas 
and Allen, 2008a). 
 
 
 
 24  
5. CONCLUSIONS AND FUTURE DIRECTIONS 
 
 
 
• Aims I and II  
The climate at the Ruhande Arboretum differed from that in the Nyungwe forest. The 
carbon stocks in the Ruhande Arboretum were higher than those in Nyungwe forest, and were 
dominated by the above-ground carbon stock which occupied 70% in the Ruhande Arboretum 
and 57% in the Nyungwe forest. The mean annual litter production was 3.4 Mg C ha−1 yr−1 and 
was 25% of annual soil CO2 efflux at the Ruhande Arboretum. Litter production rate followed a 
seasonal pattern with lowest values during wet seasons and highest values in dry seasons. 
 
• Aims III and IV 
 Mean annual soil CO2 efflux in the Ruhande Arboretum (13.5 Mg C ha−1 yr−1) and 
Nyungwe forest (10.2 Mg C ha−1 yr−1) were comparable to those in other tropical forests. 
Seasonal variations in soil CO2 efflux at our sites followed the pattern of precipitation and soil 
water content. Similar patterns were observed in other tropical forests in America, Asia and 
Africa. Spatial variations of soil CO2 efflux from the Ruhande Arboretum and the Nyungwe 
forest were mainly explained by the variability in soil C and N stocks. Diurnal patterns of soil 
CO2 efflux followed a bimodal pattern, describing a hysteresis effect with soil temperature and 
most likely affected by the transport of photosynthetic products. Hysteresis between diurnal soil 
CO2 efflux and soil temperature was also noted in other tropical, boreal and temperate forests.  
 
• Future directions  
Further studies are needed before we can calculate the Rwandan carbon balance. 
Comparative to what has been advanced in other continents, future studies may explore: (i) the 
estimation of carbon stocks and fluxes associated with other land uses and other Rwandan forest 
types; (ii) separating autotrophic and heterotrophic components of soil respiration and their 
responses to seasonal and diurnal changes in soil temperature and soil water content; (iii) the 
influence of litter biomass, soil physical properties, and plant photosynthetic activity on total soil 
CO2 efflux; (iv) long term soil CO2 efflux dynamics through long term studies that will 
document the annual variations and potential effects of climate change on soil CO2 efflux; and 
(v) the estimation of respiration and photosynthesis of the aboveground tissues.  
 
 
 
 
 
 
 
 25  
ACKNOWLEDGEMENTS 
 
 
 
I would like to thank all people and institutions who have contributed to this work and to my education in 
various ways: 
 
The Swedish International Development Agency (SIDA) in partnership with the National University of 
Rwanda that financially supported my PhD study. Thanks to the small grant from the Philosophical 
Faculties donation fund, University of Gothenburg. 
 
Very special thanks to my supervisors Dr Göran Wallin and Prof Leif Klemedtsson for scientific advise, 
installation and maintenance of my research equipments, and field work visits in Rwanda; 
 
I’m grateful to the authorities of ISAR (Institute of Agronomic Sciences in Rwanda) and the ORTPN (the 
Office of Rwandan Tourism and National Parks) that authorized to conduct field studies in the Ruhande 
Arboretum and Nyungwe forest, respectively. 
 
Therèse Musabe, Ntarindwa Janvier, Kabakeza Joseph, Raymond Ndikumana, Susan Mutoni and Charles 
Gakomeye, for handling administrative documents for the procurement of field work fee and air tickets; 
 
John Gakwavu, Théoneste Nzayisenga and Etiènne Zibera, for your unforgettable hard work in field data 
collection; 
 
Dr Beth A. Kaplin, Dr Johan Uddling, Dr Robert Ford and anonymous reviewers for their comments and 
suggestions on the papers and manuscripts; 
 
Mats Räntfors for running carbon and nitrogen analyses of soil and biomass samples; Sven Toresson and 
David Allbrand for providing all kinds of practical assistance when I was at the Department of Plant and 
Environmental Sciences, University of Gothenburg; Niklas Siberg for your support with laptop 
maintenance and internet connectivity; 
 
Jéremie Nzarora and Gasana for all the invaluable help, by being the night guards of my research 
equipment when it was left in the forest to consecutively measure soil CO2 effluxes; You are gratefully 
acknowledged for you have accepted to resist to darkness, cold and heavy rain in the Nyungwe forest and 
the Ruhande Arboretum; 
 
Thanks to Elisabeth Földi for facilitating the acquisition of student visa and accommodation when I was 
in Goteborg. Thanks to Prof Hans Egneus for organizing social meetings with other colleagues from 
Rwanda. I’m also grateful to Rwandan PhD students in the University of Gothenburg, by being there I did 
not fill that I was alone in Goteborg. 
 
The Library of the University of Gothenburg, for the abundance and quality of books and journals that 
facilitated the acquisition of scientific information related to my PhD study. I also appreciate the printing 
 26  
and copying facilities that were offered by the Department of Plant and Environmental Sciences, 
University of Gothenburg.  
 
To the staff of Plant and Environmental Sciences Department and to Swedish people in general; you are 
generous, harmless and wonderful people. My special thanks to Dr Henrik Aronsson, Dr Kjell Wallin, and 
Prof Göran Dave, for your encouragements and kind conversation; Thanks to Prof Åke Larsson who was 
acting as my Examiner; Prof Håkan Pleijel who was the teacher of important PhD courses, especially the 
“Biogeochemistry, an analysis of global changes”; I’m very grateful to my companions and former PhD 
students Dr Marianne Hall and Dr Maria Ernfors, as well as PhD students Lasse Tarvainen, Jenny 
Klingberg, and Delilah Lithner. I also shared the office with two retired persons who were very peaceful, 
Stefan Bydén and Lena Lind.  
 
My beloved wife Christine Mukantwali and our daughters Carrie Anne L., Eve Aline U. and Elsie I. 
Kunda, with whom I share all life, enjoyment and love. Your encouragement and love have strengthened 
me during the long way to PhD degree and during the loneliness and cold winter in Scandinavia.   
 
To my late parents Dismas R. and Xavérine N., from whom I received an early education, support and 
love. I’m very grateful to my aunt Godeberte M. and all people who supported me along my educational 
stages from primary school to the present degree.   
 
To all friends who prayed for me, I believe that your prayer has refreshed my memory whenever I was 
weak, stressed by readings and confused by enormous scientific statements. 
 
Above all, I thank the ALMIGHTY and sing hosanna to him in the highest heavens.   
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 27  
REFERENCES 
 
 
 
Adachi M., Bekku Y.S., Rashidah W., Okuda T., Koizumi H., 2006. Differences in soil 
respiration between different tropical ecosystems. Applied Soil Ecology 34, 258−265. 
Bonan G.B., 2008. Forests and climate change: forcings, feedbacks, and the climate benefits of 
forests. Science 320, 1444−1449. 
Bréchet L., Ponton S., Roy J., Freycon V., Coûteaux M.−M., Bonal D., Epron D., 2009. Do tree 
species characteristics influence soil respiration in tropical forests? A test based on 16 
tree species planted in monospecific plots. Plant and Soil 319, 235−246. 
Brown S., Lugo A.E., 1982. The storage and production of organic matter in tropical forests and 
their role in the global carbon cycle. Biotropica 14(3), 161−187. 
Buchmann N., Guehl J.−M., Barigah T.S., Ehleringer J.R., 1997. Interseasonal comparison of 
CO2 concentrations, isotopic composition, and carbon dynamics in Amazonian rainforest 
(French Guiana). Oecologia 110, 120−131. 
Cao M., Zhang Q., Shugart H.H., 2001. Dynamic responses of African ecosystems carbon 
cycle to climate change. Climate Research 17, 183−193. 
Carbone M.S., Vargas R., 2008. Automated soil respiration measurements: new information, 
opportunities and challenges. New Phytologist 177(2), 295−297. 
Chambers J.Q., Tribuzy E.S., Toledo L.C., Crispim B.F., Higuchi N., Dos Santos J., Arau´jo 
A.C., Kruijt B., Nobre A.D., Trumbore S.E., 2004. Respiration from a tropical forest 
ecosystem: partitioning of sources and low carbon use efficiency. Ecological 
Applications, 14(4),  S72–S88. 
Chao K.-J., Phillips O.L., Baker T.R., Peacock J., Lopez-Gonzalez G., Vásquez Martinez R., 
Monteagudo A., Torres-Lezama A., 2009. After trees die: quantities and determinants of 
necromass across Amazonia. Biogeosciences 6, 1615−1626. 
Clark D.A., 2004. Source or sink? The responses of tropical forests to current and future climate 
and atmospheric composition. Phil Trans R Soc Lond B 359, 477−491. 
Clark D.A., Brown S., Kicklighter D.W., Chambers J.Q., Thomlinson J.R., Ni J., Holland E.A., 
2001. Net primary production in tropical forests: an evaluation and synthesis of existing 
field data. Ecological Applications 11(2), 371−384. 
Curiel Yuste J., Janssens I.A., Carrara A., Meiresonne L., Ceulemans R., 2003. Interactive 
effects of temperature and precipitation on soil respiration in a temperate maritime pine 
forest. Tree Physiology 23, 1263−1270. 
Davidson E.A., Belk E., Boone R., 1998. Soil water content and temperature as independent or 
confounded factors controlling soil respiration in a temperate mixed hardwood forest. 
Global Change Biology 4, 217−227. 
 28  
Davidson E.A., Verchot L.V., Cattânio J.H., Ackerman I.L., Carvalho J.E.M., 2000. Effects of 
soil water content on soil respiration in forests and cattle pastures of eastern Amazonia. 
Biogeochemistry 48, 53−69. 
Davidson E.A., Janssens I.A., Luo Y., 2006. On the variability of respiration in terrestrial 
ecosystems: moving beyond Q10. Global Change Biology 12, 154−164. 
Denman, K.L., G. Brasseur, A. Chidthaisong, P. Ciais, et al., 2007: Couplings Between Changes 
in the Climate System and Biogeochemistry. In: Climate Change 2007: The Physical 
Science Basis. Contribution of Working Group I to the Fourth Assessment Report of the 
Intergovernmental Panel on Climate Change [Solomon, S., D. Qin, M. Manning, Z. 
Chen, M. Marquis, K.B. Averyt, M.Tignor and H.L. Miller (eds.)]. Cambridge University 
Press, Cambridge, United Kingdom and New York, NY, USA. 
Dixon R.K., Brown S., Houghton R.A., Solomon A.M., Trexler M.C., Wisniewski J., 1994. 
Carbon pools and flux of global forest ecosystems. Science 263, 185−190. 
Epron D., Ngao J., Granier A., 2004a. Interannual variation of soil respiration in a beech  forest 
ecosystem over a six-year study. Annals of Forest Science 61, 499−505. 
Epron D., Nouvellon Y., Roupsard O., Mouvondy W., Mabiala A., Saint-André L., Joffre R., 
Jourdan C., Bonnefond J.M., Berbigier P., Hamel O., 2004b. Spatial and temporal 
variations of soil respiration in Eucalyptus plantation in Congo. Forest Ecology and 
Management 202, 149−160.  
Epron D., Bosc A., Bonal D., Freycon V., 2006a. Spatial variation of soil respiration across a 
topographic gradient in a tropical rain forest in French Guiana. Journal of Tropical 
Ecology 22, 565−574. 
Epron D., Nouvellon Y., Deleporte P., Ifo S., Kazotti G., Thongo M’Bou A., Mouvondy W., 
Saint André L., Roupsard O., Jourdan C., Hamel C., 2006b. Soil carbon balance in a 
clonal Eucalyptus plantation in Congo: effects of logging on carbon inputs and soil CO2 
efflux. Global Change Biology 22, 1021−1031. 
FAO, 1993. Forest resources assessment 1990 – Tropical countries. FAO Forestry Paper 112. 
Rome. 
FAO, 1997. Estimating biomass and biomass change of tropical forests – a primer, FAO Forestry 
Paper 134, Rome. 
FAO, 2000. Etat des ressources forestières au Rwanda. Département des forêts, Rome. 
http://www.fao.org/docrep/004/X6814F/X6814F00.HTM 
FAO, 2001. Forest resources assessment 2000, Main report. FAO Forestry Paper 140, Rome, 479 
pp. 
FAO, 2004. Assessing carbon stocks and modelling win-win scenarios of carbon  sequestration 
through land-use changes. Rome. 156 pp. 
FAO, 2006. Global forest resources assessment 2005. Progress towards sustainable forest 
management. FAO Forestry Paper 147, Rome, 320 pp.  
Field C.B., Behrenfeld M.J., Randerson J.T., Falkowski P., 1998. Primary production of the 
biosphere: integrating terrestrial and oceanic components. Science 281, 237−240. 
 29  
Gaumont-Guay D., Black T.A., Griffis T.J., Barr A.G., Jassal R.S., Nesic Z., 2006. Interpreting 
the dependence of soil respiration on soil temperature and water content in a boreal aspen 
stand. Agricultural and Forest Meteorology 140, 220−235. 
Geider R.J., Delucia E.H., Falkowski P.G., et al. 2001. Primary productivity of planet earth: 
biological determinants and physical constraints in terrestrial and aquatic habitats. Global 
Change Biology 7, 849−882. 
Hashimoto S., Tanaka N., Suzuki M., Inoue A., Takizawa H., Kosaka I., Tanaka K., Tantasirin 
C., Tangtham N., 2004. Soil respiration and soil CO2 concentration in a tropical forest, 
Thailand. Journal of Forest Research 9, 75−79. 
Houghton R.A., 1999. The annual net flux of carbon to the atmosphere from changes in land 
use1850−1990. Thellus 51B, 298−313. 
Houghton R.A., 2005. Aboveground forest biomass and the global carbon balance. Global 
Change Biology 11, 945−958. 
Houghton R.A., 2007. Balancing the global carbon budget. Annual Review of Earth and 
Planetary Sciences 35, 313−347. 
Hulme M., Doherty R., Ngara T., New M., 2005. Global warming and African climate 
change.[In: Low P.S. ed.]. Climate change and Africa. Cambridge University Press, UK, 
369 pp.  
IPCC, 2000. Special report on land use, land-use change, and forestry. [Watson R.T., Noble I.R., 
Bolin B., Ravindranath N.H., Verardo D.J., Dokken D.J. (Eds.)]. IPCC, Cambridge 
University Press, Cambridge, UK. 377 pp. 
IPCC, 2001. Climate change 2001: The Scientific Basis. Contribution of Working Group I to the 
Third Assessment Report of the Intergovernmental Panel on Climate Change (IPCC). [J. 
T. Houghton, Y. Ding, D.J. Griggs, M. Noguer, P. J. van der Linden, D. Xiaosu (Eds.)]. 
Cambridge University Press, Cambridge, UK, 944 pp.  
IPCC, 2003. Good practice guidance for land use, land-use change and forestry. [J. Penman, M. 
Gytarsky, T. Hiraishi, T. Krug, D. Kruger, R. Pipatti, L. Buendia, K. Miwa, T. Ngara, K. 
Tanabe, F. Wagner (Eds.)]. The Intergovernmental Panel on Climate Change (IPCC).  
IPCC, 2007. Climate change 2007. The Physical Science Basis. Contribution of working group I 
to the fourth assessment report of the Intergovernmental Panel on Climate Change. 
Cambridge University Press, Cambridge, UK. 
Janssens I.A., Pilegaard K., 2003. Large seasonal change in Q10 of soil respiration in a beech 
forest.  Global Change Biology 9, 911−918. 
Janssens I.A., Barigah S.T., Ceulemans R., 1998. Soil CO2 efflux rates in different tropical 
vegetation types in French Guiana. Annals of Forest Science 55, 671−680 
Janzen H.H., 2004. Carbon cycling in earth systems, a soil science perspective. Agriculture, 
Ecosystem and Environment 104, 399−417. 
Jassal R.S., Black T.A., Drewitt G.B., Novak M.D., Gaumont-Guay D., Nesic Z., 2004. A model 
of the production and transport of CO2 in soil: predicting soil CO2 concentrations and 
CO2 efflux from a forest floor. Agricultural and Forest Meteorology 124, 219−236. 
 30  
Kosugi Y., Mitani T., Itoh M., Noguchi S., Tani M., Matsuo N., Takanashi S., Ohkubo S., Nik 
A.R., 2007. Spatial and temporal variation in soil respiration in Southeast Asian tropical 
rainforest. Agricultural and Forest Meteorology 147, 35−47. 
Lambers H., Chapin III F.S., Pons T.L., 2008. Plant Physiological Ecology, 2nd ed. Springer, 
New York, USA, 604 pp. 
Lee M.-S., Nakane K., Nakatsubo T., Mo W.-H., Koizumi H., 2002. Effects of rainfall events on 
soil CO2 flux in a cool temperate deciduous broad-leaved forest. Ecological Research 
17(3), 401−409. 
Lee M.-S., Mo W.H., Koizumi H., 2006. Soil respiration of forest ecosystems in Japan and 
global  implications. Ecological Research 21, 828−839. 
Luo Y., Zhou X., 2006. Soil respiration and the environment. Elsevier, Amsterdam, 316 pp.  
Luyssaert S., Inglima I., Jung M., and 62 others, 2007. CO2 balance of boreal, temperate, and 
tropical forests derived from a global database. Global Change Biology 13, 2509−2537. 
Malhi Y., Wright J., 2004. Spatial patterns and recent trends in the climate of tropical rainforest 
regions. Phil Trans R Soc Lond B 359, 311−329. 
Malhi Y., Baldocchi D.D., Jarvis P.G., 1999. The carbon balance of tropical, temperate and 
boreal  forests. Plant, Cell and Environment 22, 715−740. 
Masozera M.K., Alavalapati J.R.R., 2004. Forest dependency and its implications for protected 
areas management: a case study from the Nyungwe forest reserve, Rwanda. Scandinavian 
Journal of Forest Research 19(Suppl. 4), 85−92. 
McGregor G.R., Nieuwolt S., 1998. Tropical climatology, an introduction to the climates of the 
low latitudes, 2nd ed., John Wiley & Sons, England, 339 pp. 
MINITERE, 2003. National strategy and action plan for the conservation of biodiversity in 
Rwanda. Ministry of Lands, Resettlement and Environment (MINITERE), Kigali, 
Rwanda.  80 pp. 
MINITERE, 2005. Initial national communication under the United Nations Framework 
Convention on Climate Change. Ministry of Lands, Resettlement and Environment 
(MINITERE), Kigali, Rwanda, 82 pp. 
MINITERE, CGIS-NUR, 2007. Final report on the mapping of Rwandese forests, Volume 1. 
The Ministry of Lands, Environment, Forests, Water and Natural Resources 
(MINITERE) and The Geographic Information Systems & Remote Sensing Research and 
Training Center of the National University of Rwanda (CGIS – NUR). 
Mo W., Lee M.-S., Uchida M., Inatomi M., Saigusa N., Mariko S., Koizumi H., 2005. Seasonal 
and annual variations in soil respiration in a cool-temperate deciduous broad-leaved 
forest in Japan. Agricultural and Forest Meteorology 134, 81−94. 
Montagnini F., Jordan C.F., 2005. Tropical forest ecology: The basis for conservation and  
management. Springer, Netherlands, 304 pp. 
Nouvellon Y., Epron D., Kinana A., Hamel O., Mabiala A., D’Annunzio R., Deleporte P., Saint 
André L., Marsden C., Roupsard O., Bouillet J.-P., Laclau J.-P., 2008. Soil CO2 effluxes, 
soil carbon balance, and early tree growth following savannah afforestation in Congo: 
 31  
Comparison of two site preparation treatments.  Forest Ecology and Management 255, 
1926−1936. 
Ouyang Y., Zheng C., 2000. Surficial processes and CO2 flux in soil ecosystem. Journal of 
Hydrology 234, 54−70. 
Raich J.W., Schlesinger H.W., 1992. The global carbon dioxide flux in soil respiration and its 
relationship to vegetation and climate. Tellus 44B, 81−99. 
Raich J.W., Potter C.S., Bhagawati D., 2002. Interannual variability in global soil respiration, 
1980−94. Global Change Biology 8, 800−812. 
Raich J.W., Russel A.E., Kita Yama K., Parton W.J., Vitousek P.M., 2006. Temperature 
influences carbon accumulation in moist tropical forests. Ecology 87, 76−87. 
Rey A., Pegoraro E., Tedeschi V., De Parri I., Jarvis P.G., Valentini R., 2002. Annual variation 
in soil respiration and its components in a coppice oak forest in Central Italy. Global 
Change Biology 8, 851−866. 
Roxburgh S.H., Wood S.W., Mackey B.G., Woldendorp G., Gibbons P., 2006. Assessing the 
carbon sequestration potential of forests: a case study from temperate Australia. Journal 
of Applied Ecology 43, 1149−1159. 
Salimon C.A., Davidson E.A., Victoria R.L., Melo A.W.F., 2004. CO2 flux from soil in pastures 
and forests in southwestern Amazonia. Global Change Biology 10, 833−843. 
Schlesinger W.H., 1977. Carbon balance in terrestrial detritus. Annual Review of Ecology and 
Systematics 8, 51−81. 
Schlesinger W.H., 1997. Biogeochemistry: An analysis of global change, 2nd Ed., Academic 
Press, NY, 588 pp. 
Schwendenmann L., Veldkamp E., 2006. Long-term CO2 production from deeply weathered 
soils of a tropical rain forest: evidence for a potential positive feedback to climate 
warming. Global Change Biology 12, 1878−1893. 
Schwendenmann L., Veldkamp D., Brenes T., O’Brien J.J., Mackensen J., 2003. Spatial and 
temporal variation in soil CO2 efflux in an old-growth neotropical rain forest, La Selva, 
Costa Rica. Biogeochemistry 64, 111−128. 
Sotta E.D., Meir P., Malhi Y., Nobre A.D., Hodnetts M., Grace J., 2004. Soil CO2 efflux in a 
tropical forest in the central Amazon. Global Change Biology 10, 601−617. 
Standards Australia, 2000. Australian and New Zealand Standard AS/NZS1080:3-2000. Timber 
– Method of test – Method 3: Density. Standards Australia International Ltd., Strathfield, 
Australia. 
Tang J., Baldocchi D.D., Xu L., 2005. Tree photosynthesis modulates soil respiration on a 
diurnal time scale. Global Change Biology 11, 1298−1304. 
UNEP, 2002. Africa environment outlook. Past, present and future perspectives. Earthprint 
Limited, England, 422 pp. 
Valentini R., 2003. Flux of carbon, water and energy of European forests. Springer, Germany, 
270 pp. 
 32  
Vargas R., Allen M.F., 2008a. Diel patterns of soil respiration in a tropical forest after Hurricane 
Wilma. Journal of Geophysical Research 113, G03021, doi:10.1029/2007JG000620. 
Vargas, R., Allen, M.F., 2008b. Environmental controls and the influence of vegetation type, fine 
roots and rhizomorphs on diel and seasonal variation in soil respiration. New Phytologist 
179, 460−471. 
Wang C., Yang J., Zhang Q., 2006. Soil respiration in six temperate forests in China. Global 
Change Biology 12, 2103−2114. 
Werner C., Kiese R., Butterbach-Bahl K., 2007. Soil-atmosphere exchange of N2O, CH4, and 
CO2 and controlling environmental factors for tropical rain forest sites in western Kenya. 
Journal of Geophysical Research 112, DO3308, doi:10.1029/2006JD007388. 
Xu M., Qi Y., 2001. Soil-surface CO2 efflux and its spatial and temporal variations in a young 
ponderosa pine plantation in northern California. Global Change Biology 7, 667−677. 
